Active hydrothermal vent fields are complex, small-scale habitats hosting endemic fauna that changes at scales of centimeters, influenced by topographical variables. In previous studies, it has been shown that the distance to hydrothermal fluids is also a major structuring factor. Imagery analysis based on two dimensional photo stitching revealed insights to the vent field zonation around fluid exits and a basic knowledge of faunal assemblages within hydrothermal vent fields. However, complex three dimensional surfaces could not be adequately replicated in those studies, and the assemblage structure, as well as their relation to abiotic terrain variables, is often only descriptive. In this study we use ROV video imagery of a hydrothermal vent field on the southeastern Indian Ridge in the Indian Ocean. Structure from Motion photogrammetry was applied to build a high resolution 3D reconstruction model of one side of a newly discovered active hydrothermal chimney complex, allowing for the quantification of abundances. Likewise, the reconstruction was used to infer terrain variables at a scale important for megabenthic specimens, which were related to the abundances of the faunal assemblages. Based on the terrain variables, applied random forest model predicted the faunal assemblage distribution with an accuracy of 84.97 %. The most important structuring variables were the distances to diffuse-and black fluid exits, as well as the height of the chimney complex. This novel approach enabled us to classify quantified abundances of megabenthic taxa to distinct faunal assemblages and relate terrain variables to their distribution. The successful prediction of faunal assemblage occurrences further supports the importance of abiotic terrain variables as key structuring factors in hydrothermal systems and offers the possibility to detect suitable areas for Marine Protected areas on larger spatial scales. This technique works for any kind of video imagery, regardless of its initial purpose and can be implemented in marine monitoring and management.
Active hydrothermal vent fields are complex, small-scale habitats hosting endemic fauna that changes at scales of centimeters, influenced by topographical variables. In previous studies, it has been shown that the distance to hydrothermal fluids is also a major structuring factor. Imagery analysis based on two dimensional photo stitching revealed insights to the vent field zonation around fluid exits and a basic knowledge of faunal assemblages within hydrothermal vent fields. However, complex three dimensional surfaces could not be adequately replicated in those studies, and the assemblage structure, as well as their relation to abiotic terrain variables, is often only descriptive. In this study we use ROV video imagery of a hydrothermal vent field on the southeastern Indian Ridge in the Indian Ocean. Structure from Motion photogrammetry was applied to build a high resolution 3D reconstruction model of one side of a newly discovered active hydrothermal chimney complex, allowing for the quantification of abundances. Likewise, the reconstruction was used to infer terrain variables at a scale important for megabenthic specimens, which were related to the abundances of the faunal assemblages. Based on the terrain variables, applied random forest model predicted the faunal assemblage distribution with an accuracy of 84.97 %. The most important structuring variables were the distances to diffuse-and black fluid exits, as well as the height of the chimney complex. This novel approach enabled us to classify quantified abundances of megabenthic taxa to distinct faunal assemblages and relate terrain variables to their distribution. The successful prediction of faunal assemblage occurrences further supports the importance of abiotic terrain variables as key structuring factors in hydrothermal systems and offers the possibility to detect suitable areas for Marine Protected areas on larger spatial scales. This technique works for any kind of video imagery, regardless of its initial purpose and can be implemented in marine monitoring and management.
INTRODUCTION
Hydrothermal vents form structurally complex, small-scale habitats (Cuvelier et al., 2009; Podowski et al., 2010) of metal rich deposits. Fluid discharges provide energy for freeliving and symbiotic microorganisms that form the basis for chemoautotrophic primary production (Jannasch and Mottl, 1985; Childress et al., 1991; Thomas et al., 2018) . These vent fields can support diverse and locally densely populated biological communities (Hashimoto et al., 1995; Galkin, 1997; Copley et al., 2016; Thornton et al., 2016) . The hydrothermal fluid discharge has a profound impact for the distribution and abundance of vent-endemic communities (Juniper et al., 1992; Copley et al., 2007; Sen et al., 2013; Nakajima et al., 2015) and the faunal zonation around fluid exits has been the subject of several studies (Cuvelier et al., 2009; Podowski et al., 2009; Sen et al., 2014; Du Preez and Fisher, 2018) .
In general, the faunal zonation can be divided in an active vent fauna consisting of symbiotic taxa occurring close to fluid exits, often dominated by a single taxon in a distance related gradient according to their temperature tolerance and ability to persist in toxic fluid effluents (Sarrazin et al., 1997; Podowski et al., 2009; Sen et al., 2014) , and mainly endemic secondary consumer vent taxa at greater distances to fluid effluents. The increasing distance to the active vent field results in a mix of vent taxa and background taxa in high abundances (Podowski et al., 2010; Marsh et al., 2012; Sen et al., 2016) . This distance related taxonomic gradient has been studied in detail at the East Pacific Rise for hydrothermal vent communities, specifically after disturbance events (Tunnicliffe et al., 1997) , for several gastropod species (Bates et al., 2005) and zooplankton distribution (Skebo et al., 2006) .
In addition to these taxonomic shifts, abundance and size differences related to varying distances to fluid exits are well documented for the anemone Maractis rimicarivora Fautin and Barber, 1999 at Ashadze vent field (Fabri et al., 2011) , the gastropod Alviniconcha spp. at Eastern Lau Spreading Center (Podowski et al., 2009) , the mussel Bathymodiolus japonicus Hashimoto and Okutani, 1994 at Iheya North field in the East China Sea (Thornton et al., 2016) and for Bathymodiolus azoricus Cosel and Comtet, 1999 at Lucky Strike vent field on the Mid-Atlantic Ridge (MAR) (Cuvelier et al., 2009) . At the E2 and E9 vent fields in the Southern Ocean, Marsh et al. (2012) reported decreasing sizes and abundances for the squat lobster Kiwa tyleri Thatje, 2015 with increasing fluid distance. In addition, the smaller individuals of K. tyleri were juveniles.
Many of these studies were based on imagery data, of which the majority were qualitative (Van Dover et al., 2001; Nakamura et al., 2012; Rogers et al., 2012; Marsh et al., 2013) and only few studies conducted quantitative approaches (Podowski et al., 2009; Sen et al., 2013; Thornton et al., 2016) . Those studies detecting and defining the faunal assemblage structure of hydrothermal vent fields used video annotations (Goffredi et al., 2017) or combined images to build a 2D photomosaic (Podowski et al., 2009; Fabri et al., 2011; Marsh et al., 2012; Du Preez and Fisher, 2018) . Likewise, imagery based studies were conducted to observe succession stages (Sarrazin et al., 1997; Shank et al., 1998; Sen et al., 2014 Sen et al., , 2016 and long-term variations (Cuvelier et al., 2011; Du Preez and Fisher, 2018) of faunal assemblages on active venting edifices. These studies reveal the importance of temperature as hydrothermal fluid proxy for symbiotic taxa and their zonation. However, quantitative spatial information of abiotic factors and faunal distribution patterns remains limited (Kostylev et al., 2001; Robert et al., 2016) . This seems to be related to the ability to reach and observe these areas with high resolution imagery (Thornton et al., 2016) .
Since the 3D reconstruction techniques were established at the beginning of this century (Pizarro and Singh, 2003; Singh et al., 2007; Pizarro et al., 2009 ) they have not only allowed for the accurate reconstruction and analysis of structurally complex seafloor surfaces, but also offered the possibility to analyze vertical and planar surfaces in a single model. First applications of 3D reconstructions were the mapping of coral reef areas (Montgomery et al., 2006; Bridge et al., 2011; Friedman et al., 2012) . Recently, 3D techniques were used to map faunal distributions at vertical walls of canyons (Robert et al., 2017) and the artificially created Iheya North hydrothermal vent field in the East China Sea (Thornton et al., 2016) .
In the Indian Ocean first indications of hydrothermal activity was first recognized in 1983 (Herzig and Plüger, 1988) , with the discovery and description of the first vent fields, named Edmond and Kairei, were reported in2000 (Hashimoto et al., 2001; Van Dover et al., 2001) . These studies revealed an assemblage zonation around fluid exits, a distinct taxonomic composition with evolutionary affinities to the western Pacific, and the discovery of the symbiotic shrimp Rimicaris kairei Watabe and Hashimoto, 2002 , a genus previously only known from the MAR (Van Dover et al., 2001; Watabe and Hashimoto, 2002) . Further hydrothermal vent fields that are known from the Indian Ocean are Dodo and Solitaireat the Central Indian Ridge (CIR) (Nakamura et al., 2012) as well as Longqi vent field at the southwest Indian Ridge (Copley et al., 2016) , and the recently discovered site 21 on the South East Indian Ridge (SEIR) near the Amsterdam-St Paul plateau (Watanabe et al., 2018) .
With the discovery of these vent fields in the Indian Ocean, the connectivity of taxa such as Rimicaris kairei and Austinograea rodriguezensis Tsuchida and Hashimoto, 2002 at CIR vent fields could be studied (Beedessee et al., 2013) and several unique taxa for the Indian Ocean were found, such as the gastropod Chrysomallon squamiferum Chen et al., 2015 (Chen et al., 2014 or the stalked barnacle Neolepas marisindica Watanabe et al., 2018 (Watanabe et al., 2018 .
Lately, the commercial interests for SMS (seafloor massive sulfides) deposits have risen and have led to exploration licenses issued by the International Seabed Authority (ISA). The ISA have been assigned to manage deep sea mining activities and protect the marine environment from anthropogenic impacts, such as the extraction of minerals and testing for mining technologies Levin et al., 2016b) . These possible anthropogenic disturbances will likely affect the hydrothermal environment and require baseline studies for ecological observations prior to potential mining impacts (Copley et al., 2016) . In the framework of SMS mining activities licensed by the ISA, imagery based studies are a useful tool for cost effective ecological baseline and monitoring studies (Sen et al., 2014; Van Dover et al., 2014) . In order to establish environmental guidelines, e.g., to determine suitable habitats for Marine Protected Areas, predictive habitat modeling based on bathymetric data over larger scales can be conducted. Confirmation of these models based on imagery tools can be an efficient way to select potential suitable habitats for these ecosystems (Robert et al., 2016; Bargain et al., 2018) .
Here we present a high resolution 3D reconstruction model of one side of an active chimney complex within a newly discovered vent field. The aims of this study are (1) the characterization of faunal assemblages and (2) identifying the spatial distribution patterns of these assemblages across the active chimney complex based on the 3D reconstruction. Furthermore, we will use our model to (3) extract terrain variables from the chimney complex to find major structuring factors for the small scale distribution of the faunal assemblages. As a final aim we will test (4) if we can predict the detailed distribution of the assemblages based on imagery derived terrain variables only.
MATERIALS AND METHODS

Survey Description
The INDEX project (Indian Ocean exploration) of the Federal Agency for Geoscience and Mineral Resources (BGR) has the aim to explore the German license area to find massive sulfide deposits. During the INDEX 2014 expedition, a new hydrothermal vent field was discovered on the SEIR. It was revisited and sampled during the INDEX 2016 expedition using the ROV Victor 6000 on board of the French research Vessel "Pourquoi pas?". The vent field is located at 26 • 09'S, 71 • 26'E at a depth of 3,659 m, approximately 167 km southeast of the Kairei vent field (Figure 1) . One side of an active hydrothermal chimney complex with a total area of 346.02 m 2 was mapped within the newly discovered hydrothermal vent field using ROV mounted forward pointing HD-video imagery. Time limitations obstructed mapping of the entire chimney complex.
Image Acquisition and 3D Reconstruction
For the video survey the ROV Victor 6000 used a forward looking HD-Camera (3-CCD camera with 1920X1080 pixels) with fixed zoom, pan and tilt, and a pair of lasers (10 cm apart) as scale. The aim of this video survey was to record the megabenthos occurring on the active chimney. The survey was planned and conducted with slow speed during filming (speed over ground ranged approximately between 0.1 and 0.2 knots), an overlap of at least 50 % of each vertical transect line and, if possible, a constant distance toward the chimney walls. The raw imagery data is archived at the data repository Pangea. 1 The position of the ROV, its altitude, pitch and roll were logged every second using the "Ultra Short Base Line System" (USBL). The raw USBL positioning was smoothed and interpolated in ArcGIS to remove misallocated positions. The interpolation added a GPS position for each second of which one coordinate was used every 3 s for georeferencing the extracted frame grabs in the 3D reconstruction software. Additionally, the altitude was used for the 3D reconstruction, pitch and roll were not required by the software and the orientation of the imagery was accurate without these parameters.
For the 3D image reconstruction frame grabs were extracted every 3 s from the continuous recorded video imagery using MAGIX Video deluxe 2014 Premium 2 and imported in the Pix4D 3 software. The Software uses the "Structure from Motion" technique (SfM) to build a 3D image reconstruction of the filmed surface with the preset setting "3D Map" provided by the software. The software was set to the coordinate system WGS84/ UTM zone 42S to match the ROV derived coordinates and set the internal units to meter. The 3D model was scaled and georeferenced by using the smoothed USBL position of every frame grab. Lasers visible in the frame grabs were used to apply scale constraints to optimize scaling and related measurements within the reconstructed model. The USBL and video imagery data was connected using the UTC time. The software allows aerial and distance measurements within the reconstructed textured mesh.
A summary of the reconstruction process is given in Figure 2 ; a detailed fly through the reconstructed chimney is available in the Supplementary Video 1.
Terrain Analysis
The point cloud processing software CloudCompare 4 was used to calculate the terrain descriptors distance to black and diffuse fluids, aspect, slope, roughness and curvature of the reconstructed chimney model (Figure 3, Table 1 ). Aspect is the compass direction of the surface. Slope is the vertical gradient of a surface. Roughness is the difference between the minimum and maximum bathymetry values at a given surface area. Curvature measures acceleration, deceleration, convergence and divergence of flow across a surface and therefore indicates areas influenced by erosion or deposition processes. In areas with dense faunal aggregations, the extracted terrain descriptors derived from the surface of these aggregations.
Diffuse fluid exits were defined by visible, focused and clear fluids, which were indicated by shimmering water, bacterial mats around the exits and the occurrence of vent fauna around these exits. The orientation of the surface of a reconstructed model (normals) was computed for the entire point cloud and converted to dip/dip direction to obtain slope and aspect values.
Based on the resolution of our model all terrain descriptors were calculated at a radius size of 0.02 m to test for small scale changes. The resulting point cloud was exported as asci text file for further analysis in R (R Development Core Team, 2018) . In R, the relative height was calculated based on the height of the reconstructed chimney complex model and used as terrain descriptor ( Table 1) .
Counting Individuals and Definition of Faunal Assemblages
The Pix4D photogrammetry software was used to classify the dense point cloud and assign as separate faunal assemblages based on the underlying 3D textured mesh in combination with the observation of the HD video. The initial classification and assignment of the dense point cloud was based on predominant taxa observed in the video imagery ( Table 1) .
The extracted and overlapping frame grabs of the video imagery were imported in the web based annotation software BIIGLE (Langenkämper et al., 2017) . To ensure the highest imagery quality for counting, the high overlap of the imagery allowed us: a) select only the focused areas within each photo, b) exclude areas of surrounding images and lower resolution parts when individuals were counted. In addition, a taxon-specific colored point was placed on each single individual to avoid double counting.
Of all taxa larger than 2 cm and clearly recognizable throughout the entire video footage, each individual was counted within the reconstructed chimney ( Table 1) . For taxa that form multilayered aggregations a "minimum abundance" was counted (Marsh et al., 2012) , since only the topmost individuals were visible and could be reliably identified.
The identification of taxa within the model was done by a single person and relied on an expert reviewed and sample confirmed imagery catalog, created, and continuously updated since 2011. The identification of taxa throughout the model was cross checked afterwards. The identification catalog is available at the data repository Pangea (doi: 10.1594/PANGAEA.896158).
Faunal assemblages were assigned in two ways. One approach classified faunal assemblages based on the predominant megafauna visible in the video imagery. If taxa were not dominating, geological and bacterial derived visible features were used. The geological description and interpretation applied in this study has been cross checked and confirmed by experienced marine geologists. Abundances were counted in BIIGLE and assemblage borders inspected and cross checked with the 3D reconstruction in Pix4D. In a second approach, a statistical test was applied to define faunal assemblages based on taxonomic richness and abundances (see section "Assemblage analysis" for details).
The abundance data was manually assigned to each faunal patch for all assemblages from the 3D reconstruction classification. Therefore, BIIGLE derived abundance data was aligned with the classified dense point cloud patches and the abundance data was assigned to each faunal patch. The species and abundance data was transformed to abundance per square meter for each taxon and resulted in a single value for each taxon in each individual patch. For all faunal assemblages the mean abundances per square meter of each taxon were calculated. Single individuals were sampled to verify the imagery based identification of all counted taxa at the vent field.
Assemblage Analysis
Dominant Taxa Approach
The faunal assemblage classification based on dominant taxa was statistically tested. Statistically defined indicator species were interrelated to their spatial distribution and assemblage fidelity using the Species-site group association function "IndVal.g" within the "multipatt" package of the "indicspecies" library in R (De Cáceres and Legendre, 2009; De Cáceres et al., 2010) . The output is an association value (stat), showing the exclusivity and fidelity of a species for a designated group, which was used to verify the assemblage classification.
To test the assignment of the faunal assemblages, the Bray Curtis dissimilarity matrix of standardized individuals per m 2 (ind. m −2 ) and square root transformed abundance data of all taxa was calculated. The faunal assemblages were displayed as nMDS plot and general assemblage separation was verified using the function "adonis" in R, an equivalent to ANOVA for non-normal and non-homogenous distributed data. Adonis separation of faunal assemblages was based on adjusted p-values with 999 free permutations. The "pairwiseAdonis" package was applied for a pairwise comparison of all faunal assemblages and to show which faunal groups could be significantly separated (Martinez Arbizu, 2017) .
Statistical Approach
The statistical assignment of faunal assemblages was done to detect abundance and species richness related delimitations of the fauna occurrences. The k-medoid algorithm "pam" (partitioning around medoids) in combination with the "Adonis" and "pairwiseAdonis" packages were used to analyze and classify the assemblage structure (Maechler et al., 2018) . The "pam" clustering algorithm of the k-medoid statistics used Bray Curtis dissimilarity on the transformed matrix to assign a coherent number of faunal assemblages. The resulting silouhette-plot showed the number of assemblages that could best explain the separation of the species and abundance data (Supplementary Figure 1A) . The silhouhette-width plot showed the strength of each faunal patch to belong to the calculated assemblage (Supplementary Figure 1B) . The "pam" derived partitioning was tested using the "adonis" function for an overall separation and the "pairwiseAdonis" package to test pairwise separation of faunal assemblages.
The statistically classified faunal assemblages were tested for indicator species as well using the "IndVal.g" function in R (modified after Robert et al., 2014) .
Statistical Data Analysis
Abundance data of each faunal patch and terrain variables of the entire reconstructed model were imported into R and formatted to data matrices for further statistical analysis. The Kruskall Wallis test ("stats" package in R) was used to show significant differences in the distances of the faunal assemblages to black and diffuse fluid exits. Dunns test ("dunn.test;" package in R) based on the Benjamini-Hochberg procedure was performed to check for pairwise comparison and separation of the faunal assemblages. The Benjamini-Hochberg procedure is a posthoc test to adjust the level of significance and reduces false positive errors.
Linear Terrain Variable Analysis
The surface area of the entire model and of each designated faunal assemblage were measured and used for the Canonicalcorrelation analysis (CCA) that finds maximum correlations of cross-covariance matrices. Minimum and maximum distances to black fluid and diffuse fluid exits were measured as well ( Table 1) . Measurements were repeated to ensure the minimum or maximum distance. All terrain variables were displayed in scatter plots to visually inspect for the convenience of data transformation. In total, 13 terrain variables were tested to explain the faunal assemblage structure in a CCA ( Table 1) . Slope values derived from log transformed surface area values and were assigned as vertical chimney area (Log.Chimney) or talus area (Log.Blocks), depending on the steepness ( Table 1) . Aspect values were split in percentage of faunal patch pointing north, east, south and west ( Table 1) . This procedure increased the number of terrain descriptors.
The transformed abundance data was tested for a correlation to the terrain data. The "adonis" function was used to find significant terrain descriptors that explain the faunal assemblages and the CCA was repeated using significant factors only. For the CCA analysis, single values for each faunal patch (70 in total) were used, either as mean values or as individual values for distance measurements ( Table 1) . The terrain variable data set was not the same as for the random forest modeling.
Decision Tree Based Terrain Variable Analysis
The non-linear decision tree model "random forest" was used to find non-linear relationships of assigned faunal assemblages and terrain variables. We created two training data sets with seven extracted terrain variables (predictors) that used 1.00 % of the total data points from the reconstructed point cloud (dense point cloud). These points were extracted randomly throughout the entire chimney complex and contained, besides the terrain variable values, only information to which faunal assemblage the extracted point belongs. Each point had unique terrain variable values.
One training data set extracted data points from the dominant taxa derived faunal assemblages and a second from the statistically relevant derived faunal assemblages. For each data set 5,000 decision trees were built that used all seven terrain variables randomly selected at each node to find a tree best explaining the faunal assemblages. The Out-of-bag error rate (OOB) was estimated and showed misclassifications of the model as well as the minimum number of trees to reduce the variability of the error rate of each tree. The random forest model is significant at an error rate below 5.0 %. The "VarImpPlot" shows the importance of each terrain variable to explain the faunal assemblage structure. The false positive error was calculated for both predictions using the post-hoc test described in Rossel and Martínez Arbizu (2018) . If necessary, the Laplace correction was applied on the data prior to the post-hoc test.
A decision tree was obtained from each of the two training data sets. These trees were the foundation for the spatial habitat prediction and have been applied for the entire reconstructed chimney complex, to test the explanation power of the terrain variables.
In contrast to the CCA analysis, the random forest analysis used seven terrain variables (height, aspect, roughness, slope, Gaussian surface curvature, distance to black and diffuse fluids; Figure 3 ) with individual values for each of the 4,114,358 data points.
RESULTS
3D Reconstruction
It was possible to create a continuous 3D model of one side of the active chimney complex within the hydrothermal vent field. The average resolution expressed as the ground sampling distance has a value of 0.0027 m, sufficient to locate single individuals within the reconstructed model. Highly motile taxa, such as Rimicaris kairei, could not be reconstructed in situ, since they moved too much from image to image and are displayed as a gray area in the model ( Figure 4A) .
The smoothed USBL positioning had an absolute standard deviation error of 1.8 m for the x-direction, 2.0 m for the ydirection and 1.3 m for the z-direction, which was below the expected USBL error rates of 1 % (40 m); the computed scale constraint error length was 0.023 m. The initial input camera parameters differed 12.64 % compared to the optimized internal camera parameters from the SfM reconstruction.
Geological Setting of the Chimney Complex
The base of the chimney complex consisted of superficially oxidized sulfide talus blocks and chimney fragments in size ranges of 5-40 cm and had a moderate slope (5-40 • ); the upper part had continuous solid and often oxidized surfaces with a steep to vertical slope ranging from 50-90 • .The western side of the reconstructed chimney was relatively shallow at the base and rose abruptly into the vertical chimney structure. The eastern side had an almost continuous slope that became steeper in the upper part, with more active diffuse and black fluid venting zones (Figures 4B,C) . The intact upstanding chimneys were invariably inactive.The diffuse venting occurred in the lower part of the chimney complex, the black fluid exits were all located at intermediate heights.Sulfidic sediments, sulfide rubble, or gravel occurred infrequently, while no basaltic rocks of any size or biogenic sediments were observed.
Taxonomic Composition
Ten different taxa with a total abundance of 25,360 individuals and a density range of 0.01-23.59 individuals per m 2 (ind. m −2 ) among different taxa could be recognized reliably throughout the entire chimney complex ( Table 2 ). The abundance per square meter is averaged over the entire reconstructed chimney area. For the statistically separated faunal assemblage separation minimum (Min), maximum (Max), mean (M), standard deviation (SD) and indicator species with their fidelity (stat) and p-value (p) is given for each assemblage.
These ten taxa were ordered in decreasing abundance ( Table 2 ) and comprised the mussel Bathymodiolus septemdierum Hashimoto and Okutani, 1994 (Figure 4O) , the shrimp Rimicaris kairei (Figure 4J) , the anemone Maractis sp. (Figure 4N) , the gastropods Phymorhynchus spp. (Figure 4I) and Alviniconcha marisindica Okutani, 2014 (Figure 4R) , the crab Austinograea rodriguezensis (Figure 4K) , the stalked barnacle Neolepas marisindica (Figure 4M) , the holothurian Chiridota sp. (Figure 4P) , the squat lobster Munidopsis pallida Alcock, 1894 ( Figure 4L ) and a hydrothermal fish of the family Zoarcidae gen. sp. (Figure 4Q) .
Bathymodiolus septemdierum, Maractis sp., Phymorhynchus spp., A. marisindica and N. marisindica are species that form aggregations, of which B. septemdierum, N. marisindica and Maractis sp. are non-motile or restricted in their ability to move. Bathymodiolus septemdierum, R. kairei and A. marisindica are symbiotic taxa bearing either endosymbiotic or episymbiotic bacteria. Accordingly, these taxa were related to the fluid distances and dominant visible taxa changed from A. marisindica to R. kairei and A. rodriguezensis to B. septemdierum to Maractis sp. with increasing distance (compare Figures 5A,B with Figures 5C,D) . The distances to black fluid exits were thereby more pronounced compared to distances to diffuse fluid exits (compare Figures 5C,D with Figures 5E,F) .
Further taxa have been observed or were sampled but could not be reliably recognized throughout the entire chimney complex. All occurring taxa and their affiliation to faunal assemblages are listed in Supplementary Table 1.
Faunal Assemblages
Point cloud assemblage assignments based on the reconstructed textured mesh were verified by imagery (Figures 4D-F) . The dominant taxa approach defined faunal assemblages based on dominant visible taxa and was confirmed by identifying indicator species. The statistical approach used k-medoid clustering to define the number of clusters with lowest intra-cluster variance and highest inter-cluster variance (Supplementary Figure 1) , confirmed by "pairwiseAdonis" comparison.
Dominant Taxa Assemblage Assignment
The dominant taxa approach identified seven faunal assemblages (Figure 4B ), named SulChim7, Rimi7, Alvi7, Mara7, Bathy7, MarPhy7, and Bacteria7, which were supported by indicator species analysis. It designates R. kairei (stat = 0.9; p = 0.005) as indicator species for the faunal assemblages SulChim7 and Rimi7. Alviniconcha marisindica occurs in assemblage Alvi7 (stat = 0.929; p = 0.005), B. septemdierum (stat = 0.915; p = 0.005) is related to the Bathy7 assemblage. The species Phymorhynchus sp. (stat = 0.786; p = 0.02) occurs in the faunal assemblages Mara7, Bathy7, MarPhy7, Bacteria7 and SulChim7. Maractis sp. (stat = 0.883; p = 0.005) occurs in the assemblages Mara7, Bathy7, MarPhy7, Bacteria7, and SulChim7.
Species related to more than one faunal assemblage either occurred in close proximity to fluid exits throughout different assemblages or in certain distances to fluid exits, and often had varying abundances or individual sizes. The "pairwiseAdonis" comparison of each faunal assemblage could significantly distinguish the assemblages close to fluid exits from those further away of fluid sources, but not every assemblage could be separated from one another (Supplementary Table 2) .
Statistical Assemblage Assignment
The statistical faunal assemblages based on k-medoid clustering suggested a separation in four assemblages ( Figure 4C ). This could best explain the species and abundance data with an overall silhouette value of 0.44 (Supplementary Figure 1A) . The silhouette-width plot showed that the majority of the faunal patches fit to the newly defined assemblages (Supplementary Figure 1) . The Mara4 assemblage has a silhouette width of 0.50 and consists of 21 faunal patches; the Rimi4 assemblage has a silhouette width of 0.31 with 9 faunal patches, the Bathy4 assemblage has 29 faunal patches with a silhouette width of 0.46 and the Alvi4 assemblage has a silhouette width of 0.37 with 11 faunal patches. All newly defined faunal assemblages could be significantly separated using the "pairwiseAdonis" comparison (Supplementary Table 2 ).
Comparing Dominant Taxa and Statistically Defined Faunal Assemblages
The statistical k-medoid clustering resulted in an extension of the Mara4 assemblage, incorporating Mara7, MarPhy7, and FIGURE 6 | NMDS plots of abundance and species based assemblage structure and CCA plots showing species and abundance distributions in relation to significant terrain variables. Abundance data was square root transformed and Bray Curtis dissimilarity was calculated for all figures. In total, 13 terrain variables were tested for their influence for the assemblage separation of which three variables were a priori log transformed (chimney area, sulfide block area and assemblage area). Bacteria7 based on similar taxa and abundances. Similarly, several patches of the Bathy7, Alvi7, and SulChim7 assemblages changed to Mara4.
Indicator species for each group also changed with Neolepas marisindica representing Mara4 (stat=0.488; p = 0.03), R. kairei the Rimi4 assemblage (stat=0.904; p = 0.005), B. septemdierum the Bathy4 assemblage (stat=0.943; p = 0.005) and A. marisindica the Alvi4 assemblage (stat=0.919; p = 0.005). The taxon Maractis sp. could be related to the combined Mara4 and Bathy4 assemblages (stat=0.859; p = 0.005).
The distribution of the seven dominant taxa and the four statistically identified assemblages showed similar patterns. Close to fluid exits, relatively higher abundances over similar spatial scales were observed compared to assemblages further away, that occupy more space, but these findings were not statistically supported (compare Figures 5A,B with Figures 5C,D) .
The alterations of the faunal patches belonging to the seven and four faunal assemblages were visualized in nMDS plots based on the Bray Curtis dissimilarity (Figures 6A,B) . The seven faunal assemblages could be significantly separated from several, but not all, other assemblages ( Supplementary Table 2A) . Nevertheless, the Alvi7, Rimi7, and Bathy7 assemblages form consistent clusters, but Bacteria7, Mara7, MarPhy7, and SulChim7 could not be separated and show large overlap ( Figure 6A) . In contrast, the statistically defined four faunal assemblages could be significantly separated from each other (Supplementary Table 2B ). Except for some patches of Mara4, no mixing or overlapping of faunal patches occurred ( Figure 6B ).
Linear Modeling of the Ecological Spatial Pattern
The dominant taxa based seven faunal assemblages and statistically defined four faunal assemblages were tested for terrain variables being responsible for their distribution (Figures 6C,D) . Thirteen terrain variables were used for the CCA (Table 3) , of which, factors "Log.Blocks (m 2 )", "Log.Chimney (m 2 )", and "Log.Area (m 2 )" were log-transformed prior to the analysis. All abiotic factors could explain 29.69 % of the variability of both faunal assemblages.
Using only the three significant factors based on "adonis" analysis (Table 3) , 13.49 % of the assemblage structure could be explained (Figures 6C,D) . These factors were the logtransformed vertical chimney area, as well as the minimum distances to diffuse-and black fluids ( Table 3) . Bathy7, Bacteria7, Mara7, and MarPhy7 were positively correlated with the significant terrain variables (Figure 6C ), meaning they occurred in greater distances to black and diffuse fluids and occupied more vertical chimney space. The faunal assemblage Bathy7 could be separated statistically and the majority of its patches had strong correlations with the distance to black and diffuse fluids.
The faunal assemblages Rimi7 and Alvi7 occurred closer to diffuse and black fluids. Rimi7 depends more on vertical structures and could thereby be separated from Alvi7 ( Figure 6C) . The statistically reduced number of faunal assemblages indicated similar correlations to terrain variables for Rimi4, Alvi4, and Bathy4 ( Figure 6D) . The overlapping Bacteria7, Mara7, and MarPhy7 assemblages were merged into Mara4 and are depending on a greater distance to diffuse-and black fluids according to the CCA analysis.
Random Forest Modeling of the Ecological Spatial Pattern
The random forest modeling explored the explanation power of key terrain variables responsible for the faunal assemblage distribution pattern. The training data and prediction of the faunal assemblages relied on abiotic terrain variables only, with species richness and abundances being excluded.
The random forest model of the dominant taxa assemblage had an estimated OOB error rate of 24.73 %, and the statistically defined assemblage model had an error rate of 14.96 %. In both models the most important terrain variables were distances to black-and diffuse fluids and the height of the chimney complex (Supplementary Figure 2) . Roughness, aspect, slope and curvature were of minor importance. The resulting decision trees were used with all terrain variables for the prediction of all faunal assemblages (Figure 7) .
The random forest prediction for the dominant taxa assemblages could assign Mara7, Bathy7, and Alvi7 with a total accuracy of 44.05 % (Figures 7A,C) , while Rimi7, MarPhy7, and SulChim7 were not predicted.
MarPhy7 and Bathy7 both occurred close to diffuse venting zones and were represented by the same indicator species (Maractis sp.) for these assemblages. The predicted spatial extent of Bathy7 covered the originally defined Bathy7 and extended into the MarPhy7 assemblage, which was not predicted. Further parts of the initial MarPhy7 assemblage were replaced by the predicted Alvi7, which was predicted far beyond its original occurrence (compare Figures 4B, 7A) . The Bacteria7 assemblage was predicted as coherent patches and scattered within the initially defined MarPhy7 or Bathy7 extent.
The random forest prediction for the statistically defined faunal assemblages could assign all assemblages with a total accuracy of 84.97 % (Figures 7B,D) . All faunal assemblages were correctly predicted with only minor spatial differences at the transitions ( Figure 7D) .
The predicted Mara4 assemblage occurred in comparable spatial extent of the originally classified assemblage. The Bathy4 assemblage was predicted circular around vent fluid effluents with the second largest aerial extent. Rimi4 and Alvi4 had the smallest spatial extent and occurred in close proximity to vent effluents of both types. Predicted Rimi4 patches in greater distances to fluid exits were slightly scattered and confused with Mara4, indicating the importance of the distance of fluid exits to assign this assemblage ( Figure 7D) . Within the predicted Mara4 and Bathy4 assemblages, the highest classification error rates occurred (Supplementary Table 3B ). Nevertheless, all four predicted assemblage occurrences persisted in areas which were statistically classified. The type of fluid exit seemed to be of minor importance, although Rimi4 occurred closer to black fluid exits and Alvi4 closer to diffuse fluids ( Figure 7B) .
It was observed that slope, curvature and roughness were more pronounced in close proximity to fluid exits. In both predictions the structuring terrain variables were comparable to the "adonis" derived terrain variables of the CCA analysis.
DISCUSSION
Faunal Assemblage Reduction
The definition of faunal assemblages based on dominant visible taxa has been commonly used in many imagery studies (Sarrazin et al., 1997; Cuvelier et al., 2009; Marsh et al., 2012) and is still the basis to outline occurrences of single taxa that often do not overlap in their spatial extent (Podowski et al., 2009; Sen et al., 2013; Thornton et al., 2016) . While the use of statistical methods to define faunal assemblages is robust, reproducible and can be applied for unknown areas (Vierod et al., 2014; Robert et al., 2016; Fernandez-Arcaya et al., 2017) , the dominant taxa approach offers the advantage to include biological observations such as foraging stage or individual sizes (Cuvelier et al., 2009 ; Frontiers in Marine Science | www.frontiersin.org Marsh et al., 2012) , which might be overlooked when relying on statistical methods only.
Including observations such as individual size, foraging information, motility or feeding mode in a statistical assemblage definition approach leads toward functional trait analysis and yields different explanations such as functional group structure (Vierod et al., 2014; Gagic et al., 2015; Shojaei et al., 2015) or recovery and resilience potential (Gollner et al., 2017) . This requires a basic knowledge about the taxonomic composition and assemblage structure.
In our study, the reduction from seven dominant taxa based assemblages to the four statistically identified faunal assemblages was related to similarities in taxonomic and abundance composition within different faunal patches. The Mara7 and MarPhy7 assemblages for example had a similar assemblage structure, but taxa such as Maractis sp. occurred in lower abundances within the MarPhy7 assemblage. In addition, close to fluid exits, individuals were larger than further away of fluid exits. These differences were recognized and resulted in more assemblages for the dominant taxa based approach, but was not supported statistically ( Figure 6A) .
These abundance and size differences might be related to feeding and aging but were neither reflected in the biological faunal assemblage classification nor in the terrain variable prediction. Rimicaris kairei as one of the major food sources located around fluid exits (Van Dover, 2002 ) and the limited space along chimney walls puts a high intraspecific competition pressure on Maractis sp. to settle close to this food source, and individuals occur in dense aggregations at active chimney complexes as observed for Kiwa tyleri at the E2 and E9 vent fields in the Southern Ocean (Marsh et al., 2015) . The competition also might inhibit the settlement of offspring and therefore smaller individuals are forced to settle at greater distances as observed for individual sizes of Bathymodiolus azoricus at Lucky Strike vent field (Cuvelier et al., 2011) or the population structure of K. tyleri at the E2 and E9 vent fields in the Southern Ocean (Marsh et al., 2012 (Marsh et al., , 2015 .
Although we are aware that minor differences between some faunal patches do exist, we only discuss the statistically defined four faunal assemblages in the following sections.
Faunal Assemblage Characterization and Spatial Distribution
Taxonomic Resemblance
The taxa identified at the chimney complex on the southeast Indian Ridge resemble taxa of Kairei, Edmond, Dodo, and Solitaire vent fields (Van Dover et al., 2001; Nakamura et al., 2012) . In total, 17 megafauna taxa have been identified either by video data or molecular confirmed samples.
Ten species are in common with vent fields on the Central Indian Ridge (CIR), the South West Indian Ridge (SWIR) and the South East Indian Ridge (SEIR).
The shrimp Rimicaris kairei, three species of the gastropod Phymorhynchus spp., two species of the limpet Lepetodrilus spp. and the squat lobster Munidopsis sp. (Van Dover et al., 2001; Nakamura et al., 2012; Copley et al., 2016) , are known from all Indian Ocean vent sites, with Munidospsis spp. having a panoceanic distribution (Copley et al., 2007; Sen et al., 2013) . The gastropod Chrysomallon squamiferum was observed throughout the Indian Ocean except at Dodo vent field in the northern CIR (Chen et al., 2014) . The mussel Bathymodiolus spp., referred to as Bathymodiolus sp. at Dodo and Solitaire vent field (Nakamura et al., 2012) and B. marisindicus Hashimoto, 2001 at Longqi (Copley et al., 2016) , Kairei and Edmond vent fields (Breusing et al., 2015) occurred on the SWIR and CIR and shows a historic connectivity with Bathymodiolus spp. in the western Pacific (Breusing et al., 2015) . The stalked barnacle Neolepas marisindica, which has been recently described for the SEIR (Watanabe et al., 2018) , is the same species at Kairei (Hashimoto et al., 2001) and Longqi (Copley et al., 2016) .
The anemone Maractis sp. (Van Dover et al., 2001; Copley et al., 2007) (referred as Marianactis sp. at other vent sites), the gastropod Alviniconcha marisindica (Hashimoto et al., 2001) , the crab Austinograea rodriguezensis (Van Dover et al., 2001 , Nakamura et al., 2013 , the shrimps Mirocaris indica Komai et al., 2006 (Komai et al., 2006 and Alvinocaris solitaire Yahagi et al., 2014 (Van Dover, 2002 are found only at certain Indian Ocean sites. The hydrothermal holothurian Chiridota sp. (Van Dover et al., 2001 ) and the hydrothermal fish Zoarcidae gen. sp. (Ingole, 2003) are known from the Indian Ocean but are probably new species, the latter one a new genus of fish.
These 17 taxa are within the range of 4 to 35 taxa observed at vent fields on the CIR and the SWIR (Van Dover et al., 2001; Nakamura et al., 2012; Copley et al., 2016) .
Alvi4 Assemblage
Large aggregations of Alviniconcha marisindica and Austinograea rodriguezenis occurred in the Alvi4 assemblage, nearby black fluid effluents. This spatial distribution is comparable to the Eastern Lau Spreading Center (Podowski et al., 2010; Sen et al., 2013) or Solitaire vent field (Nakamura et al., 2012) , where gastropods of the genus Alviniconcha were observed close to black fluid effluents, in contrast to Kairei vent field, where they occurred around diffuse fluid exits (Hashimoto et al., 2001) .
Alviniconcha marisindica is a symbiotic species bearing sulfide-oxidizing bacteria in its gills, therefore benefiting of the close proximity to hydrothermal fluids (Van Dover, 2002) . This taxon can be found exclusively in closest proximity to fluid exits and in highest measured temperature anomalies within a vent field (Podowski et al., 2010; Sen et al., 2013) .
No direct comparison of this abundance was possible, since the spatial coverage of Alviniconcha spp. is often used as surrogates for their dominance at vent fields (Sen et al., 2013 (Sen et al., , 2014 Du Preez and Fisher 2018) . Alviniconcha sp. often occurs in dense and multilayered aggregations (Sen et al., 2014) hampering exact abundance estimates, although this has been done for aggregated and multilayered taxa such as Kiwa tyleri (Marsh et al., 2012) or R. kairei . Counting aggregated species always estimates a so called "minimum abundance" of the superficial layer of individuals (Marsh et al., 2012) ; a different approach calculates the surface area and applies mean individual sizes (Podowski et al., 2009) , which requires representative sampling and measuring.
Rimi4 Assemblage
The Rimi4 assemblage followed Alvi4 in terms of fluid proximity and is dominated by Rimicaris kairei with high abundances in dense and multilayered aggregations around major black fluid exits. This value is almost 4-fold higher than the maximum abundance at Iheya North field in the Okinawa Through but lower compared to Von Damm and Beebe vent field with one third of the individuals at the Mid-Cayman spreading center Thornton et al., 2016) . The low maximum abundances at Iheya North field might be related to small patch sizes of the alvinocaridid aggregations in contrast to multilayered occurrences at Mid-Cayman spreading center or presented here.
Abundance data for Kairei, Edmond, Solitaire, and Dodo vent fields are not reported (Hashimoto et al., 2001; Van Dover et al., 2001; Nakamura et al., 2012) , so here we present the first quantitative abundance estimation for the Indian Ocean biogeographic province.
Rimicaris kairei was always found close to fluid exits, up to a distance of a few meters away, comparable to Kairei vent field (Van Dover, 2002) . Alvinocaridid shrimps are suggested to indicate vent fluid exits (Cuvelier et al., 2009; Ishibashi et al., 2015) and often represent the dominant taxon closest to vent effluents (Van Dover et al., 1996; Desbruyères et al., 2001; Van Dover, 2002; Watabe and Hashimoto, 2002; Meyer and Paulay, 2005; Connelly et al., 2012) .
Rimicaris kairei is a symbiotic species suggested to feed entirely on sulfide-oxidizing bacteria in their branchial chambers as adults (Van Dover, 2002; Watabe and Hashimoto, 2002) , explaining their proximity to vent fluid exits. Their occurrence in water temperatures above 10 • C indicate a high thermal tolerance and supports this idea (Van Dover, 2002; Fabri et al., 2011) .
Further taxa within this assemblage were randomly distributed single individuals of A. marisindica and the bythograeid crab A. rodriguezensis.
Bathy4 Assemblage
Within the Bathy4 assemblage Bathymodiolus septemdierum occurred in dense aggregations, comparable with densities observed at Minami-Ensei Knoll and Iheya North field, both located at the Okinawa Through (Fujikura et al., 2002; Thornton et al., 2016) .
These high abundances of B. septemdierum were observed close to diffuse fluids and in moderate distances to black fluids, as reported for B. marisindicus at Longqi vent field (Copley et al., 2016) , at Kairei vent field (Hashimoto et al., 2001; Van Dover et al., 2001) , and comparable with Bathymodiolus platifrons Hashimoto and Okutani, 1994 and B. japonicus at Iheya North vent field (Thornton et al., 2016) .
Bathymodiolus mussels are known as symbiotic species containing thiotrophic bacteria on their gills (Goffredi et al., 2004) that are likely acquired from their surrounding habitat (Thomas et al., 2018) . Its individual composition can be highly variable within a single vent site (Van Dover, 2002 ). Some mussels contain methanotrophic symbionts or a mix of thioand methanotrophic bacteria (Pond et al., 1998; De Busserolles et al., 2009) . Despite their symbiotic ability, they are mixotrophic and remain a functional gut and filter feeding habit (Thomas et al., 2018) , which could be related with a lower temperature tolerance (Podowski et al., 2009) and their preference to form greater aggregations on basaltic surfaces (Podowski et al., 2010) .
Mussels of the genus Bathymodiolus are founder species that structure the community (Gollner et al., 2015; Du Preez and Fisher, 2018) and increase community dynamics (Breusing et al., 2015; Ferrigno et al., 2017) . In accordance with findings of Sen et al. (2014) , the Bathy4 assemblage had the highest total abundance of all faunal assemblages (Table 2) , despite not covering the largest surface area (Figure 5B) . It should be kept in mind, that only the "minimum abundance" of this aggregation forming species was counted.
Further associated and quantified species are A. rodriguezensis, R. kairei, Phymorynchus sp. and Maractis sp., of which A. rodriguezensis, R. kairei and Phymorhynchus sp. had smaller sizes. The Phymorhynchus gastropod, also found in Bathy4, often occurred in small aggregations as observed at Longqi vent field (Copley et al., 2016) . In addition, the squat lobster Munidopsis pallida was observed, a species that is usually found in the periphery of vent fields with little or no venting (Podowski et al., 2010; Sen et al., 2014) .
Mara4 Assemblage
The Mara4 assemblage was the most diverse faunal assemblage with ten different taxa, of which six occurred in their highest abundances. These taxa were Maractis sp., Phymorhynchus sp., N. marisindica, M. pallida, Chiridota sp. and the zoarcid fish. Further taxa were A. rodriguezensis, R. kairei, B. septemdierum, and A. marisindica in slightly lower abundances compared to their occurrences in other faunal assemblages ( Table 2) .
The maximum abundances of Maractis sp. are comparable with abundances at Tow Cam vent field at the Eastern Lau Spreading Center in the Pacific Ocean (Podowski et al., 2010) and one and a half fold higher compared to abundances at Ashadze vent field from the MAR (Fabri et al., 2011) , or at the E9 vent field in the Southern Ocean (Marsh et al., 2012) . Slightly lower abundances were reported for the Beebe vent field at the Mid-Cayman spreading center in the Caribbean Sea or at TAG hydrothermal mound at the MAR (Copley et al., 2007) .
The diversity of the Mara4 assemblage could be the result of mixing vent endemic, non-symbiont reliant or not solely reliant species, such as A. rodriguezensis or B. septemdierum, in lower abundances, with filter feeding, carnivorous and scavenging taxa to form this peripheral community (Fabri et al., 2011; Sen et al., 2016; Goffredi et al., 2017) . It has been suggested that anemones can tolerate low levels of hydrothermal fluids and temperatures, which has been measured for M. rimicarivora with a maximum tolerance of 25 • C at Ashadze vent field on the MAR (Fabri et al., 2011) . They also benefit from the local enhanced availability of potential prey (Podowski et al., 2010) , such as R. kairei (Van Dover, 2002) or Kiwa tyleri in the Southern Ocean (Marsh et al., 2012) , and this mixed food supply deriving from vent field inorganic carbon production and photosynthetically organic particulates likely support all taxa within this assemblage (Sen et al., 2016) . Within the Mara 4 assemblage, highly reproductive species such as R. kairei and provannid gastropods are absent. These taxa might inhibit the settlement of sessile taxa as suggested for anemones closer to vent effluents (Sen et al., 2016) .
In addition, close to faunal assemblages with a high total abundance of mobile taxa at black fluid exits, we observed larger sizes of Maractis sp. (Figures 4A,F) as reported for Ashadze vent field on the MAR (Fabri et al., 2011) . Especially at vertical chimney structures above black-and diffuse fluid exits, larger individuals were recognized but we did not test for significance. These areas are influenced by hydrothermal fluids with high temperatures and low oxygen levels (Beauchamp et al., 1984; Podowski et al., 2010) , but may resemble submarine canyon conditions with vertical cliffs and overhangs, which provide exposed structures, suitable for sessile, and filter feeding anemones (Ferrigno et al., 2017) .
Assemblage Structure Implications
Large sulfide deposits, many inactive chimneys and frequently occurring diffuse fluid exits are indications for long lasting activity (Nakamura et al., 2012; Copley et al., 2016) . Similarly, decreasing abundances of Alviniconcha spp. and R. kairei were recognized and have been interpreted as proxies for late faunal succession stages (Nakamura et al., 2012; Sen et al., 2014; Du Preez and Fisher, 2018) . The shrimps usually establish during early succession stages in dense aggregations as reported for Alvinocaris longirostris Kikuchi and Ohta, 1995 at Iheya North vent field (Nakajima et al., 2015) .
Mussel aggregations on the other hand increase during later succession stages and could be stable over time scales of decades (Lessard-Pilon et al., 2010) . Bathymodiolus spp. are not observed at the artificially created Iheya North field after a period of 40 months (Nakajima et al., 2015) and this species seems to prefer areas of diffuse flow (Podowski et al., 2009) which might increase at waning vent fields. Additionally, scavengers such as Phymorhynchus sp., hydrothermal holothurians and squat lobster were frequently observed. During waning succession stages, increasing abundances have been reported for Phymorhynchus sp. at Longqi vent field (Copley et al., 2016) , for Chiridota hydrothermica Smirnov and Gebruk, 2000 and Munidopsis lauensis Baba and de Saint Laurent, 1992 in the Eastern Lau Spreading Center (Sen et al., 2014) . The close proximity of this peripheral community to vent exits might also suggest a waning succession stage, replacing the symbiotic community (Fabri et al., 2011) .
Based on these observations we believe that the vent field is rather stable with a slowly changing faunal assemblage dynamic as found at medium spreading rate back-arc basins, where the hydrothermal environment has been observed to be stable for over a decade (Levin et al., 2016a; Gollner et al., 2017; Du Preez and Fisher, 2018) .
3D Reconstruction and Terrain Variable Extraction
Mapping structural complex habitats based on 3D reconstructions is a novel technique recently applied at vent fields and submarine canyons to investigate vertical structures, overhangs and horizontal seafloor areas, which is not possible using traditional geographic information systems or 2D mosaics (Thornton et al., 2016; Robert et al., 2017) .
The 3D reconstruction in our study successfully combined the analysis of horizontal and vertical imagery in a single dataset that has been separately done in 2D mosaics within vent fields either for vertical chimneys (Cuvelier et al., 2009; Sen et al., 2013) or from a nadir view to map the vent field seafloor surface (Podowski et al., 2009; Fabri et al., 2011) . The 3D approach allows the reconstruction of entire vent fields from the periphery to its vertical chimney complexes to obtain high resolution biotic and terrain variable information and address questions of faunal spatial distribution (Thornton et al., 2016) , succession patterns (Du Preez and Fisher, 2018) and faunal zonation (Marsh et al., 2012 ).
An advantage of the SfM technique is its application to any video imagery, without requiring designated video transects. Therefore, even after a natural or anthropogenic disturbance event has taken place it might be possible to get information of the former undisturbed environmental status if any video imagery for this area is available.
In addition, optical images do offer high levels of detail that are easily interpreted by humans (Pizarro et al., 2009) . Test trials regarding the resolution showed that 3D reconstruction models can produce reasonable estimates of underwater areas with an error rate of 2 % at a 1cm scale (Pizarro et al., 2009 ).
Here we present high resolution SfM reconstruction of a highly complex habitat with a diverse faunal composition. We achieved a resolution below 1 cm per pixel. Fine scale physical and geological variables are difficult to detect especially in remote places, where often no terrain variable data is available (Vierod et al., 2014) , while directly influencing species and faunal assemblage distributions (Fernandez-Arcaya et al., 2017; Bargain et al., 2018) .
Beside vent fluid exposure, further terrain variables could be structuring the spatial distribution of vent species (Goffredi et al., 2017; Bargain et al., 2018) , which is difficult to address with 2D imagery. By using 3D techniques we are able to increase the information derived from imagery studies (Friedman et al., 2012) and even terrain variables obtained from 2D mosaics can be gathered with higher precision with regards to distortions that derive when 2D mosaics are created from structurally complex surfaces (Singh et al., 2007) .
In the context of potential mining and subsequent anthropogenic activities, causing unintended damages to these ecosystems (Davies et al., 2007; Fernandez-Arcaya et al., 2017) , the use of video imagery is a noninvasive technique to analyze this ecosystem. These baseline studies show an undisturbed environmental state of active vent fields and can be used as ground truthing for prospective monitoring work and marine management (Levin et al., 2016b; Robert et al., 2016) . Imagery based monitoring can detect and define faunal assemblages before, during and after mining or similar disturbance events and are suggested as cost effective methods (Van Dover et al., 2014; Boschen et al., 2015) . Similar work with lower resolution imagery has been done at seamounts after trawling occurred, which shows changes in megafauna (Gollner et al., 2017) .
Habitat Prediction Model
Random Forest Model
The linear model could separate the faunal assemblages, but insufficiently explained faunal assemblage distributions across the reconstructed chimney complex (Figures 6C,D) . Therefore, nonlinear random forest model was applied and predicted the faunal assemblage structure with an accuracy of 84.97 % (accuracy of each assemblage in Supplementary Table 3) .
The random forest model was not significant, this could have been due to the scale of terrain variables. Habitat prediction models for marine canyons pointed out the importance of comparing different scales for each variable (Robert et al., 2015 (Robert et al., , 2016 (Robert et al., , 2017 Bargain et al., 2018) , which has not been done for our model. We focused on the smallest applicable scale for all terrain variables to show the maximum possible resolution derived from the reconstructed model and several studies pointed out the importance of high resolution small scale data to increase the prediction power of a model (Robert et al., 2015 (Robert et al., , 2016 . Maps created at larger scales often show higher discrepancies between modeling techniques (Robert et al., 2016) , as well as between observed and modeled distributions. The use of different scales for the prediction might explain some of the remaining 15 %. Nevertheless, with our high resolution model and smallest applicable terrain variable scale, a major proportion of the faunal assemblage structure was successfully explained.
The low misclassification error and the high prediction accuracy indicated a good performance of the random forest model (Supplementary Table 3) . Random forest prediction is supposed to perform better for species richness and diversity, rather than for abundance, (Knudby et al., 2010) and is less affected by prevalence compared to linear models (Robert et al., 2016) . Therefore, the use of linear models for data exploration and random forest for prediction has been recommended (Baccini et al., 2004; Robert et al., 2015) . This turned out to be valid for our model as well with CCA analysis and random forest prediction resulting in the same significant terrain variables.
In terms of performance, applied predictions at submarine canyons showed that the use of random forest models achieved similar results (Robert et al., 2014; Bargain et al., 2018) or even outperformed linear and non-linear prediction models if compared directly (Robert et al., 2015) as seen in this study.
Structuring Terrain Variables
We were able to identify key structuring factors that were extracted from the high resolution model, of which distance to vent fluids best explained the spatial distribution pattern of the faunal assemblages. This result was promoted by both, the CCA analysis and the random forest model (Figures 6D, 7B) .
Specific minimum and maximum distances for vent endemic species have been observed in several studies, often in a concentric distribution around active venting chimneys (Van Dover et al., 1996; Podowski et al., 2010; Fabri et al., 2011; Marsh et al., 2012; Boschen et al., 2016) . Additional measurements of physiological tolerances, such as temperature, oxygen and hydrogen sulfide availability revealed a relationship of these physicochemical parameters and the spatial distribution at vent fields (Copley et al., 2007; Schmidt et al., 2008) .
However, it remained unclear, whether only fluid distance or further terrain variables, such as exposed vertical structures, terrain roughness or availability of hard substrates were affecting the species occurrences as observed in submarine canyon studies (Vierod et al., 2014; Mascle et al., 2015; Fernandez-Arcaya et al., 2017; Bargain et al., 2018) . This study showed that the height of the chimney complex, as a proxy for exposed areas, was contributing to the prediction of the faunal assemblage distribution, but further terrain variables seem to play a minor role.
Roughness, as the relief of studied seafloor area (Wilson et al., 2007) , is a useful proxy for substrate type and available surface area for settlement (Vierod et al., 2014) . Slope is an important terrain variable since flat areas exhibit organic particulates (i.e. exuvia of Rimicaris kairei), in contrast to vertical surfaces as reported by Wilson et al. (2007) for deep sea communities. Within hydrothermal areas, steep slope values may also indicate areas of occlusion of video imagery and thereby underestimating individual abundances (Thornton et al., 2016) .
Aspect is a frequently used proxy for physical processes that can interact between current and topography (Bargain et al., 2018) and curvature provide an indication of water-terrain interactions (Vierod et al., 2014; Bargain et al., 2018) .
Despite the fact that these terrain variables can play an important role in structuring deep sea communities, our results suggest that they play a lesser role than fluid distances and height (Supplementary Figure 2) .
Faunal assemblages are limited by available space around fluid exits and the presence of three of the four faunal assemblages having symbiont reliant indicator species supports this idea. The more diverse and not exclusively or nonsymbiotic assemblages Bathy4 and Mara4 was related with higher roughness (compare Figures 3, 4) and Maractis sp. as well as Bathymodiolus septemdierum are foundation species increasing the structural complexity and provide a diverse habitat for further taxonomic groups (Gollner et al., 2015; Du Preez and Fisher, 2018) . Therefore, the terrain variables roughness, slope, aspect and curvature may be more important for macrofauna, which were found to be significantly influenced by substratum type, rather than by temperature (Portail et al., 2015) .
In contrast, the absence of hydrothermal venting shows the importance of these factors as observed at canyons, where solitary organisms, such as corals and sponges, occurred in higher abundances at exposed steep slopes (Fernandez-Arcaya et al., 2017; Bargain et al., 2018) . These areas provide sediment free hard substrates and enhanced food supply for filter feeding activity.
Finally, the assessment of the succession stage of a vent field is of great importance for the prediction of faunal assemblages since the dominant taxa change with aging and varying fluid intensity (Sen et al., 2014) . To apply predictions at different vent fields it is necessary to investigate the natural variability in structure by in situ time series of vents and associated fauna (Levin et al., 2016a; Du Preez and Fisher, 2018) .
CONCLUSIONS
Here we present the first biological description and habitat prediction of one side of a chimney complex within a vent field on the southeast Indian Ridge and contribute to the knowledge of regional distribution of active vent fields and their associated community composition. This non-invasive mapping technique can be implemented in marine monitoring and management to identify important ecological areas. An advantage of the SfM technique for monitoring purposes is its possibility to do 3D reconstructions with any available video imagery, not specifically designated for imagery analysis.
The statistical classification could clearly distinguish four different faunal assemblages, the Alvi4, Rimi4, Bathy4, and Mara4 assemblages, based on taxonomic composition and abundances. Indicator species were Alviniconcha marisindica for Alvi4, Rimicaris kairei for Rimi4, Bathymodiolus septemdierum for Bathy4, and Neolepas marisindica for Mara4. Each assemblage was dominated by a single taxon or with increasing distance to vent fluid exits by several taxa. The assemblages Alvi4 and Rimi4 occurred close to fluid exits, followed by Bathy4, often found close to diffuse fluids and Mara4 in the surrounding non-fluid exit areas.
The 3D reconstruction produced a high resolution textured surface mesh. Terrain variables were extracted using the dense point cloud of the reconstruction. The spatial distribution of all assemblages could be related to the distance to vent fluid exits based on linear and random forest modeling. The use of these terrain variables enabled us to successfully predict the faunal assemblages and their spatial distribution with a high accuracy.
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